
Reference: Biol. Bull., 145: 180-199. (August, 1973)

SALT AND WATERBALANCEIN LUGWORMS(POLYCHAETA:
ARENICOLIDAE), WITH PARTICULARREFERENCETO

ABARENICOLAPACIFIC A IN COOSBAY, OREGON

LARRY C. OGLESBY

Institute of Marine Biology, University of Oregon, Charleston, Oregon; and

Zoology Department, Pomona College, Clarcmont, California 91711

Polychaetes of the family Arenicoliclae, commonly called lugworms, are im-

portant members of the infauna of muddy-sand beaches throughout the world,

both in estuaries and along the open coast where wave action is slight (Wells,

1963). On suitable beaches, lugworms may be so abundant that their burrowing
and feeding activities markedly influence the composition and structure of the sub-

strate (Clay, 1959; Klein, 1967), much as do certain other mudflat polychaetes
studied quantitatively by Rhoads (1967). Lugworms are of great importance in

processing organic detritus and debris in estuaries (Clay, 1959; Day, 1967; Long-
bottom, 1970), and provide food for birds (Clay, 1959; Orton, 1925), and bottom-

feeding fishes of both sport and commercial importance (Clay, 1959; Day, 1967).

Lugworms are therefore a significant link in the detritus food web that is char-

acteristic of estuaries (Darnell, 1967).

Lugworms have been subjects of numerous studies on morphology, feeding and

burrowing activities, respiratory physiology, reproduction, and other aspects of

their ecology and physiology. Most of these studies have dealt with the common

European lugworm, Arenicola marina (Linnaeus), while other species of the

family have received little attention. These studies have been reviewed several

times, initially by Ashworth (1904), and more recently by Wells (1945), Clay

(1959), Green (1968) and Kriiger (1971). In view of their extensive distribution

in estuaries, it is surprising that salt and water balance in lugworms has been so

little studied. While there are many separate reports on various aspects of this topic

(see Discussion), most of these provide ony fragmentary data which do not give a

comprehensive picture of any species.

Several species of Abarenicola are the common lugworms of estuaries and quiet

coastal waters around the North Pacific Ocean from Japan to northern California

(Healy and Wells, 1959). Ab. pacifica Healy and Wells is one of the most

common polychaetes in Coos Bay, the largest estuary in Oregon. Because of the

abundance and presumed ecological importance of Ab. pacifica, and because of the

limited published information on salt and water balance in lugworms generally,
the present study was conducted.

MATERIALS AND METHODS

The nomenclature for the Arenicolidae follows Wells (1959, 1963). The

abbreviations A. will be used for the genus Arenicola, Ab. for Abarenicola, and Ad.

for Arenicolides.
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Coos Bay (Fig. 1) is a drowned river mouth of relatively recent geological

origin, with a mean high tide area of 10,500 acres, reduced to ahout 5000 acres

at mean low tide. Estuarine effects are detectable ahout 30 miles upstream in the

Coos River system, the only significant source of fresh water to the estuary. In

summer and fall, with low river flow, salinities in Coos Bay are high. Salinities

lower than 25%c were not encountered below mile marker 14 in October 1957

(Burt and McAlister, 1959), and below mile marker 10 in summer 1930-32 (U. S.

Department of Interior, 1971). In summer 1970, interstitial salinities as high as

28 c
/cc were measured at mile marker 15, in the Coos River. At this time of year

the entire Coos Bay estuary is essentially of the well-mixed type (Burt and Mc-
Alister, 1959), and complete vertical mixing is further encouraged by tidal over-

mixing, a phenomenon which was originally described from this Bay (Burt and

Queen, 1957). Only in the channel of Coos River itself is there any vertical salinity
stratification (Burt and McAlister, 1959). There are no published records of

salinity patterns in Coos Bay during winter and spring when river flow is much

greater than in summer. The presence of many stenohaline, sessile marine organ-
isms inside the mouth of Coos Bay, especially on the rocks of Coos Head and near

Fossil Point (Fig. 1) suggests that at least the lower portions of the Bay remain

dominated by marine water throughout the year.
From the original descriptions by Healy and Wells (1959), and from the

ecological and behavioral study by Hobson (1967), one would expect two species
of lugworms to be present in Coos Bay: Ab. pacifica and Ab. claparedi (Levinsen)

subsp. vagabunda Healy and Wells. However, there are no confirmed reports of

Ab. claparedi vagabunda. While Ab. pacifica was found to be widely distributed

and frequently abundant, Ab. claparedi vagabunda was not reported in an extensive

survey of Coos Bay made by students of the Oregon Institute of Marine Biology

during the summer of 1970 (Porch, 1970; U. S. Department of the Interior, 1971).
In summer 1970, Ab. pacifica was present in nearly all parts of Coos Bay from
near the estuary mouth to near the mouth of Coos River at mile marker 15, as

well as in a small patch of muddy sand on the marine beach at Sunset Bay (Fig. 1 ).

For physiological study, lugworms were collected from an extensive intertidal

mudflat near Pigeon Point (Fig. 1). Studies by students of the Institute of

Marine Biology in the summer of 1969 indicated that circulation patterns in this

area were such that the population of worms sampled was seldom exposed to

effluent from the pulp mill at mile marker 4. Interstitial salinities were always

high, about 95-96% of International Normal Sea Water (SW) of 560 mMCl~

(Oglesby, 1969a). Worm burrows were similar to those described for A. marina

(Wells, 1945) and for Ab. pacifica and Ab. claparedi vagabunda by Hobson

(1967). Densities ranged up to more than 100 worms per square meter. Worms
of all sizes were present in the population, ranging from 1-2 cm long up to 8-10 cm
in length, weighing over 4 g. The length of the tail portion, relative to the rest of

the body, varied considerably, suggesting extensive partial predation by fish or

birds, as described by Orton (1925) for A. marina.

After collection, lugworms were maintained in non-circulating seawater at

14-16, without feeding. Glass tubes of appropriate size were provided as artificial

burrows, and most worms took up residence in the tubes, performing regular

periodic irrigation movements. Lugworms were adapted to various salinities by
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stepwise dilution. Experimental media were made with fresh seawater from the

laboratory system (salinity 95-96% SW) diluted with glass-distilled water.

The medium was changed daily to prevent fouling ; aeration was not provided.

Lugworms were adapted to the test salinity for at least a week before study. The

lugworms in 40% and 29% SWwere sampled after only 4 days in the final

adaptational medium, since they were in poor condition and it seemed unlikely
that they would have survived a full week in such low salinites.

Ten lugworms were sampled at each salinity. Coelomic fluid was taken from

the worms as described by Oglesby (1968b) for sipunculids, care being taken to

FIGURE 1. Map of Coos Bay, Oregon, showing collecting site for Abarenicola pacifica

(black arrow). Intertidal areas where lugworms were recorded in 1969-70 are indicated by
diagonal lines

;
intertidal areas of apparently suitable substrate where no lugworms were re-

ported in 1969-70 are indicated by stippling; intertidal areas of unsuitable substrate (coarse

sand, rocks, etc.) ; subtidal areas, and areas not investigated are left blank. Numbers in-

dicate navigation mile markers for main ship channel. Names of towns are italicized.

avoid contamination with gut fluids or blood, and centrifuged to eliminate all

cellular material. Measurements of Cl~ were done with a Cotlove chloridometer

(Oglesby, 1968b). Measurements of Na+ were done with an EEL flame photom-
eter (Oglesby, 1970). Osmotic concentrations were measured with a Mechrolab

vapor pressure osmometer (Oglesby, 1968b), and expressed as the millimolarity
of an equivalent NaCl solution. For water analysis, worms were dried to constant

weight.
Results are expressed as the mean 1 standard deviation, indicated on the

figures by vertical bars. Unless otherwise stated, statistical significance is con-

sidered at the 95% level of confidence, using Student's /-test.
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The osmotic concentrations of centrifuged coelomic fluids of Ab. pacifica

adapted to salinities from 29% SWto 97% SWare presented in Figure 2, Cl"

concentrations in Figure 2, and Na f concentrations in Figure 3. Coelomic fluid/
medium ratios for osmotic, Cl~, and Naf concentrations are presented in Figure 4.

PER CENT SEAWATER
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100 200 300 400

MEDIUM: mM CI" or NaCI

500 600

FIGURE 2. Relationship of osmotic and chloride concentration in coelomic fluid of Ab.
pi-icifica to Cl" concentration of external medium. Diagonal line indicates equal internal and
external concentration

; solid circles, Cl~ concentrations
; open circles, osmotic concentrations ;

Cl" concentrations for Arcnicola marina: 1, from Robertson (1949).

The coelomic fluid of Ab. pacifica is slightly, but significantly, hyperosmotic to

the medium at all salinities tested, by 5.1% (CF/M = 1.05 0.049; N = 60).
There is no indication of increasingly hyperosmotic regulation by lugworms
adapted to the lower salinities. The coelomic fluid is slightly, but significantly,

hypo-ionic to the medium at all salinities with respect both to Cl", by 10.2%
(CF/M == 0.898 0.057; N==60), and to Na+

, by 2.9% (CF/M := 0.971

0.030; N:=60). There are no statistically significant trends in changes of

either osmotic or Na+ concentrations with lowering of external salinity. However,
the Cl" concentration of the coelomic fluid of lugworms adapted to 97% SWis
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significantly higher (CF/M := 0.988 0.010; N = : 10) than for the worms adapted
to lower salinities (CF/M := 0.880 0.044; N==SO). Even in the lugworms
adapted to 97% SW, the internal Cl~ was significantly hypo-ionic to that of the

medium by 1.2%. There was no significant difference in the extent of this slight

hypo-ionic condition between lugworms adapted to 97% SWfor 5 days in the

laboratory and those adapted for 13 days.

PER CENT StAWATER
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FIGURE 3. Relationship of Na+ concentration in coelomic fluid of Ab. pacifiea to Na+

concentration of external medium. Diagonal line indicates equal internal and external con-

centration; Na+
concentrations for Arenicola marina: 1, from Robertson (1949); 2, from

Nesterov and Skulski (1965).

Figure 5 presents the results of water content determinations of Ab. pad fie a

adapted to a wide range of salinities. A single regression line (method of least

squares) was fitted to the data. The results show that the water content of Ab.

pacifiea is strongly dependent upon the external salinity : the lower salinity, the

more hydrated the worms become.

DISCUSSION

Abarenicola pacifiea is an osmotic conformer over the entire salinity range
tested (29% to 96% SW). Over this entire salinity range, the coelomic fluids
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are slightly, but significantly, hyperosmotic to the external medium by about 5%.
At 100% SW, this would correspond to an osmotic pressure difference of about

1.2 atm., and at 50% SW, to an osmotic pressure difference of about 0.65 atm.

While these are the first measurements of osmotic concentration in Ab. pacified,

there are several previously published data on two other species, A. marina and

Ad. branchialis (Audouin and Milne Edwards) ;
the available data on osmotic
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FIGURE 4. Relationships of coelomic fluid/medium (CF/M) ratios for osmotic con-

centration (solid squares), Na+ concentration (open circles), and Cl" concentrations (solid

circles) in Ab. pacified to concentration of external medium, expressed as percentage sea

water. Horizontal line indicates equal internal and external concentration.

concentrations for all three species are graphed in Figure 6. It should be pointed
out that some of these data were obtained for worms which had not been adapted
for more than a few hours to experimental salinities. However, in the one study
of the time course of changes in coelomic fluid concentrations after a transfer to a

lower salinity, Beadle (in Wells and Ledingham, 1940) found that effective iso-

osmoticity was reached in no more than 7 hours by A. marina.
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The collective data for A. marina give the impression that this species is

similar to Ab. pacified in being an osmoconformer with the coelomic fluids slightly

hyperosmotic to the external medium. The data given by Beadle (in Wells and

Ledingham, 1940), Duchateau-Bosson, Jeuniaux and Florkin (1961), Ginetzinsky

(1959), Quinton (1900), and Schlieper (1929) are all within a few per cent of
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FIGURE 5. Relationship of water content of Ab. pacifica to Cl" concentration of medium.

being iso-osmotic. Primarily on the basis of Schlieper's data, the conclusion that

A. marina is an iso-osmotic osmoconformer has been repeated in later reviews

(e.g. Green, 1968; Krogh, 1939; Oglesby, 1969a; Potts and Parry, 1964). How-
ever, Belyaev's (1957) results show a stronger degree of hyperosmoticity, by an

average of 9% for the Barents Sea population and an average of 12% for the

White Sea population, with some data points ranging as high as 24% more
concentrated than the medium. There is some difficulty in interpreting Belyaev's
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Figure 9, from which these data were taken, because the freezing point depressions
for the media do not correspond to their stated salinity (the relationship, according
to Krogh (1939), should be -1.0 C =293 HIM XaCl == 18.3'/,,S |. Belyaev's

freezing point depression values were taken and regraphed for use in Figure 6.
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FIGURE 6. Relationship of osmotic concentrations in coelomic fluids of lugworms to osmotic

concentrations of external medium: Arenicola marina: solid circles, White Sea (Belyaev, 1957) ;

open circles, Barents Sea (Belyaev, 1957) ; open squares, Kiel and Helgoland (Schlieper, 1929) ;

1, Plymouth and Bangor (Beadle, in Wells and Ledingham, 1940) ; 2, Naples (Quinton, 1900) ;

3, Roscoff ( Duchateau-Bosson, Jeuniaux, and Florkin, 1961) ; 4, White Sea (Ginetzinsky,

1959) ; 5, (Krukenberg, in Ashworth, 1904) ;
Arcnicolidcs branchialis: open diamonds, Sea

of Azov (Zenkevich, 1938a, 1938b) ; Abarenicola pacifica: solid squares, Coos Bay (this

report).

Belyaev's interpretation of his results is that both populations of A. marina are

hyperosmotic regulators at or near their habitat salinities, which were different

for the two populations. However, his results as regraphed in Figure 6 do not

show any distinct "plateau" of hyperosmotic regulation such as that which char-

acterizes nereid polychaetes (Oglesby, 1969a). Belyaev's results actually seem
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more consistent with the conclusion that A. marina is a hyperosmotic osmocon-

former at all salinities.

Zenkevich's (1938a, 1938b) results for Ad. branchialis (as A. gntbci) present

even greater problems for interpretation. As regraphed in Figure 6 (using
Zenkevich's data for worms after 25 hours acclimation), Ad. branchialis appears
to he strikingly hyperosmotic to the medium at all salinities, and shows a marked

"plateau" region suggestive of active hyperosmotic regulation between about 25%
and 50% SW. Not only are these results different from those for A. marina and

Ab. pacifica, they are different from those for any other polychaete (Oglesby,

1969a). As with Belyaev's Figure 9, the stated enviromental salinities in

Zenkevich's (1938b) Figure 15 do not correspond to the measured freezing point

depressions. Zenkevich (1939b) found marked temporal variations in freezing

point depressions after 7, 12 and 25 hours in the experimental salinities, but

these variations were not proportional to either the length of the acclimation time

or to the salinity. As discussed by Oglesby (1969a), all measurements of freezing

point depressions made by Zenkevich (1938a, 1938b) in a wide variety of organisms
were markedly hyperosmotic to the "average" environmental salinity in the Sea of

Azov. Conflicting data by other workers who have investigated these same or

similar species cast doubt on the validity of Zenkevich's results.

It can be concluded, therefore, that both Ab. pacifica and A. marina, and

probably all members of the family Arenicolidae, are osmotic conformers which

maintain a slight degree of hyperosmoticity over a fairly wide salinity range. The
osmotic behavior of lugworms is thus quite unlike that of many estuarine

invertebrates, such as most nereid polychaetes (Oglesby, 1969a), the amphipod
Gammarus duebeni (Sutcliffe, 1967), and several decapod crustaceans (Gross,

1964), all of which are osmotic conformers only at higher salinities, and are active

hyperosmotic regulators at salinities lower than about 25% SW. Rather, lugworms
are osmotically similar to the ribbed mussel Modiohts douissus (Pierce, 1970), the

bay mussel Mytilus cdulis (Gilles, 1972), and the acorn barnacle Balaniis ini-

provisus (Newman, 1967), as well as the polychaetes Nereis vexiUosa (Oglesby,

1965) and Cirriformia spirabrancha (Dice, 1969). All are osmotic conformers

and all can tolerate a wide range of external salinities ;
this tolerance permits at

least some to penetrate far into the oligohaline reaches of estuaries.

It has only recently been realized that many marine and estuarine animals,

usually considered to be iso-osmotic, in fact maintain a small but statistically sig-

nificant degree of hyperosmoticity of the body fluids to the environment (Dice,

1969; Pierce, 1970; Remmert, 1969), as was remarked upon as long ago as 1935

by Nicol. Pierce (page 530) believes that "any animal having protein in solution

in its extracellular water and permeable external membranes must be hyperosmotic to

its environment," this condition being the purely passive consequence of the presence
of osmotically active but indiffusible particles such as proteins in the body fluids

resulting in a Gibbs-Donnan equilibrium. Pierce (1970) suggested that the usually
small differences in osmotic concentrations between the body fluids and the external

media had hitherto gone unrecognized because earlier workers had used less precise

methods than are now available. Pierce's conclusion, while theoretically attractive,

may not be true for all real animals, even when one excludes from consideration

such hypo-osmotic regulators as marine teleost fishes, many crabs, and the brine
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shrimp Artemia. Most sipunculid worms, for example, seem clearly to be iso-

osmotic conformers at all tolerable salinities (Oglesby, 1969a; Hogue and Oglesby,
1972). The one reported measurement of plasma protein concentrations in lug-
worms is only 0.2 g/1 (in A. marina: Robertson, 1949), a value at the low end
of the range of plasma protein measurements in body fluids of those worms lacking
a dissolved respiratory pigment (Oglesby, 1969a). Robertson (1949) carried out

dialysis experiments of body fluids against sea water using collodion membranes,
and concluded that a Gibbs-Donnan equilibrium was not significant in many marine

invertebrates, including /2. marina.

Remmert (1969, page 424) offered no explanation for his conclusion that

"osmotic conformers are slightly hyperosmotic in their normal environment."

Pierce (1970) discussed aspects of the differences in osmotic pressures between
blood and pericardial fluids in bivalve molluscs, but did not address himself to the

ecological role, if any, of the blood's being hyperosmotic to the external environ-

ment. Dice (1969) suggested that the maintenance of hyperosmotic coelomic

fluids in marine annelids caused a constant osmotic influx of water into the worm
which could replace water lost in the urine. Strunk (1930a) and Chapman and
Newell (1947) have described fairly copious urination by A. marina, so the

necessity for replacing urinary water is present. Dice's (1969) suggestion seems

quite likely as at least a partial explanation for the adaptive value of slightly hy-

perosmotic body fluids in marine and estuarine osmoconformers.

Na+ and Cl~ concentrations are slightly lower in the coelomic fluids of Ab.

pacifica than in the external medium at all salinities, by about 3% and 10%,
respectively (Figs. 2, 3). In the case of Cl~, the CF/M ratio was significantly-

lower in worms adapted to salinities below the habitat salinity of 97% SW.
Robertson (1949) and Nesterov and Skulski (1965) have measured Na+ in the

coelomic fluids of A. marina, and Robertson has also reported values for Cl~ ;

these are indicated by small numbers in Figures 2 and 3. Robertson's data indicate

that this species has coelomic fluids that are virtually iso-ionic with respect to both

Cl~ and Na% and that this situation does not change after a short exposure to

lowered salinity. On the other hand, Nesterov and Skulski's measurement of Na+

is 14% lower in the coelomic fluid than in the medium.
Bialaszewicz (1933) gave data for several ions, including Cl~ but not Xa+

, in

the coelomic fluids of Ab. claparedi. Since he did not report the ionic composition
of the external medium (about 112% SW), it is not possible to compute exact

CF/M ratios for any of the ions he measured. The ratios discussed below were
calculated on the assumption that the coelomic fluids of Ab. claparedi are iso-ionic

with respect to Cl~ (see Oglesby, 1969a).
Bialaszewicz (1933), Nesterov and Skulski (1965), and Robertson (1949) have

reported on several additional ions in A. marina and Ab. claparedi. Among the

cations, K+ was reported by all three workers to be hyper-ionic in both species, by

2.5-39.7%. Robertson observed that the CF/M ratio for K> increased tY n

1.035 to 1.18-1.20 after A. marina had been briefly exposed to about 509J

67% SW. (But see Oglesby, 1970, and Hogue and Oglesby, 1972, for :-ritical

discussion of the significance and reliability of apparently elevated K+ concentrations

in worm body fluids.) The reported value of 0.0214 HIM Li + for A. marina

(Nesterov and Skulski) suggests that this ion is present in the nic fluid at
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about 1.5 times the concentration in normal sea water. Ca++
is reported to be

0.2% lower in the coelomic fluid of A. marina than in the medium (Robertson),
but 17.2% higher in Ab. claparedi (Bialaszewicz). Again, Robertson observed

that the CF/M ratio for Cat+ rose from 0.998 to 1.12-1.13 after the worms were

exposed to 50% and 67% SW. Mg++ was reported to be 0.3% higher in the

coelomic fluid of A. marina than in the medium (Robertson), but 0.9% lower in

Ab. claparedi (Bialaszewicz). Both Bialaszewicz and Robertson found somewhat

reduced SC>4
=

concentrations (8.2% and 7.8%, respectively). Robertson's

dialysis experiments showed that CF/M differences for K+ and SO/ were not the

result of Gibbs-Donnan effects caused by the presence of proteins. It cannot be

stated whether the differences between Bialaszewicz's and Robertson's measure-

ments for most of these ions represent valid specific differences, or whether they
are the result of different analytical methods. In none of these studies was the

statistical significance of the slight deviations from iso-ionic conditions evaluated.

Taken together, these data do not indicate any marked ionic regulation in

lugworms. However, some of these aniso-ionic situations, though slight, may be

real; for example, Cl~ and Na+ in Ab. pacifica, and K+ and SC>4
=

in Ab. claparedi
and A. marina. With the exception of K+

,
the concentrations of these ions in the

coelomic fluids are lower than in the external medium, even though the coelomic

fluids are hyperosmotic to the medium. This suggests the presence of an ion

deficit in the coelomic fluids of lugworms, particularly marked for anions, which

is perhaps made up with organic, or nitrogenous substances, or both.

There have been very few measurements of organic substances in the body
fluids of any worms (Oglesby, 1969a), and almost none among lugworms. It is

reported that A. marina has from 0.25-1.83 mMurea (Strunk, 1932), only 0.00059

mMuric acid (Strunk, 1930b), and 0.67 niM glucose and other reducing sugars

(Florkin, 1936). Allantoic acid was detected, but not quantified, in coelomic fluid

of A. marina (Florkin and Houet, 1939). More extensive data are given by
Clark (1968a, 1968b) for Ab. pacifica. She reported 0.48 0.15 mM NH3 ,

and gave 12 pooled measurements for free amino acids (FAA) for worms in

three different salinities, for different periods of adaptation to these salinities, and
for different portions of the body. For all groups of worms in all salinities, the

average value was 10. 18 4. 98 mMFAA. There were no significant differences

between the worms in 100%, 75%, and 50% SW("100% SW" == 30-32% c Salin-

ity), for either 1 or 4 days adaptation. The highest single value, 19.78 mMFAA,
was the one measurement of coelomic fluid from the tail region, all other measure-

ments being from the trunk. These FAA values are much lower than those Clark

reported from many other polychaetes in the same study, which ranged up to

100 mMFAA in the terebellid Thelepu-s crispus. Clark (1968a) also observed

differences in pH between the coelomic fluids of tail and trunk regions of Ab.

pacifica. Using pooled samples from 7 worms, she found the tail coelomic fluid

had a pH of 7.49, but that the coelomic fluid from the trunk had a lower pH, 7.30.

These values compare well with the only other reported pH measurement for a

lugworm, 7.43 0.059 in Arenicola cristata Stimpson (Mangum and Shick,

1972).

Adding up all these separate values for both species, 22.76 mMcan be accounted

for by organic and nitrogenous molecules if Clark's maximum value for FAA in
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Ab. pacifica is used, and only 13.16 HIM if Clark's average value is used. Such

lo\v concentrations could contribute only 1-2% to the total osmolarity in Ab.

pacifica adapted to 100% S\Y, and thus are not sufficient to make up the entire

difference between the osmotic and ionic concentrations in the coelomic fluid of

this species. Some additional osmotically active substance (s) must therefore be

present in the coelomic fluids of lugworms.
Ab. pacifica increases markedly in water content when adapted to salinities

lower than 97% SW (Fig. 5). For example, a lugworm with 14.4 g solid ma-

terial (dry weight) would have 85.6 mg water when adapted to 100% SW, but

would have 135.8 mg water when adapted to 50% SW, representing an increase

of 159% over the water content of the lugworms in the higher salinity. If this

lugworm could be adapted to as low a salinity as 25% SW, the 14.4 mg solid

material would be associated with 228.6 mg water, a 267% increase in water con-

tent over the worms adapted to 100% SW. This dependency of water content

upon external salinity is at least as strong as in Nereis vexillosa and Themiste

dyscritum, both species with a far less extensive distribution in estuaries (Oglesby,

1965, 1968b, 1969a). In an analysis of water-content regulation in various worms

(Oglesby, 1973), it is shown from the present data that Ab. pacifica retains about

65% of the excess water which would be taken up osmotically by a theoretical

''perfect osmometer" after transfers to lower salinities; even T. dyscritum is capable
of preventing the retention of more of this excess osomotic water than Ab. pacifica.

These observations on steady-state w^ater content regulation are supported by visual

observations of extensive swelling associated with transfers of lugworms to lower

salinities, accompanied by distention and even breakage of the body wall. Swollen

worms were incapable of making normal ventilatory movements, and would be

expected to have difficulty in burrowing. Below 50% SW, these abnormal re-

sponses were especially noticeable.

Very few investigators have addressed themselves to the problem of water

regulation in lugworms, and what information exists was obtained quite inci-

dentally to other studies. There have been several reports of water content in

A. marina and A. cristata (see Table I, Oglesby, 1969a), and although all worms
were probably taken from approximately full-strength seawater, in no case was
the external salinity indicated. The reported values have an extraordinary range,
from 78.6% to 97.0% water just for one species (A. marina). Both extremes

are well outside the range of water content in all salinities reported here for Ab.

pacifica. Probably these data should be used with caution until more carefully
controlled work is done with A. marina.

The tendency for a worm to approach its initial weight after a transfer from

one salinity to another is termed "volume regulation" (Oglesby, 1969a). No
studies have been published on the actual time course of weight changes after

transfers, but scattered comments in the literature indicate that A. marina (Dakin,

1908; Ginetzinsky, 1959; Quinton, 1900; Reid, 1929), Ad. branchialis (Zenke-
vich, 1938a) ;

and Ab. pacifica (Clark. 1969b ; this report) have little or no capacity
for volume regulation, suggestions which are consistent with the great variation

in steady-state water content observed in Ab pacifica. It can reasonably be con-

cluded that lugworms have a very limited capacity to regulate water content when

exposed to variations in environmental salinity.
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The studies just discussed indicate that both Ab. pacifica and A. marina, and

very likely all lugworms, are hyperosomotic osmocon formers which cannot regulate
volume and water content to any significant extent. When maintained in salinities

lower than about 50% SWin the laboratory, lugworms are rendered incapable
of such vital physiological activities as burrowing and burrow ventilation. Yet

Ab. pacifica has a very extensive distribution in the Coos Bay estuary, which has

some freshwater inflow at all seasons, and very strong freshwater inflows from

the Coos River during the rainy season (November-May). Similarly, A. marina

TABLE I

Tolerance of low salinities by lugworms

External
concentration Remarks and references

HIM Cl~

Arenicola marina
50 Survival only "for a short time" (Reid 1929).

80-85 Serious injuries occur below this level (Khlebovich 1969); survived 26 hours

in laboratory (Schlieper 1929).

125 Lowest temporary salinity at which worms were found in field (Nicol 1935);
lowest salinity for worms in field (Green 1968; Krogh 1939; Wells and

Ledingham 1940).

140-193 Survived only 2 hours in laboratory (Pearse 1928); survived 7 hours in

laboratory (Beadle in Wells and Ledingham 1940); no tolerance of lower

salinities in laboratory (Belyaev 1957; Ginetzinsky 1959; Sveshnikov

1963).

230 Lowest salinity permitting normal burrowing (Reid 1929).
344-392 Lowest salinity for worms in field (Percival 1929; Popham 1966; Robertson

1949).
A renicolides branchialis

48 Survived 25 hours in laboratory (Zenkevich 1938b).
357 Average environmental salinity (Zenkevich 1938b).
Abarenicola pacifica

162-220 Poor survival in laboratory (this report).

247-277 Survived 4 days in laboratory (Clark 1968b); moderate survival in labora-

tory (this report).
400 Lowest interstital salinity at which worms were found in field (this report).

is generally regarded as a typical inhabitant of estuaries in northern Europe (e. g.,

Green, 1968). In view of their relatively poor physiological abilities to control

salt and water balance in the laboratory, how do lugworms cope with the rigorous
conditions of varying salinities in estuaries?

The actual tolerance of lugworms to low salinities may not be so great as

generally believed. Table I gives a number of records of low salinity tolerances

for 3 species of lugworms ; undoubtedly other low salinity limits have been pub-

lished, especially in faunal lists, but I hope that this selection is representative.
Table I gives a first impression that lugworms can tolerate salinities down to at

least 23% SW (S%cS) in the field, and much lower salinities in the laboratory.

However, in the laboratory lugworms show obvious signs of injury when ex-

posed to salinities below about 25% SWfor more than a few hours. Schlieper's

(1929) record for A. marina surviving 26 hours in 15% SWand Zenkevich's
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(1938b) record for Ad. branchialis surviving 25 hours in 9% SWare by far

the longest recorded laboratory survivals of lugworms in salinities below 23% SW.
Ab. pacifica placed in salinities lower than about 50% SWrecovered if returned

to higher salinities within 1-2 days. Thus, in this species, brief exposures to low
salinities do not cause irreversible damage.

A salinity of 5-8% is frequently regarded as representing an important bound-

ary for the low salinity tolerance of euryhaline estuarine osmoconformers (re-

view; Khlebovich, 1969). This critical low salinity limit was termed the "horo-

halinicum" by Kinne (1971). The horohalinicum is not a tolerance boundary for

such estuarine worms as nereid polychaetes, but it seems significant that 5-8%oS
is approximately the external concentration at which these worms abandon osmo-

conformity and begin to hyperosmoregulate (Oglesby, 1969a). The horohalinicum
of natural waters seems to be characterized by marked changes in ion ratios, which
are constant throughout the entire range of higher salinities. At and below the

horohalinicum, K+ and Ca++ tend to become much more abundant relative to Na+

than in higher salinities (Khlebovich, 1969; Kinne, 1971). Thus, the several ob-

servations that lugworms can survive up to 2 days in salinities below 8% in the

laboratory may be a fortunate consequence of the use of distilled water to make
seawater dilutions, leaving the various ion ratios unaltered. However, for the

osmoregulator Nereis diverslcolor, Ca++ must be present in the external medium
for survival in salinities below the horohalinicum (Oglesby, 1970; Smith, 1970).

While there are a number of references to lugworms being found exposed to

salinities as low as 8%c in the field (Table I), suggesting that lugworms can

exist naturally down to the horohalinicum, many low salinity records seem to be
of the type described by Nicol (1935). She states (page 220) that A. marina is

"found in [salt marsh] pools of an average salinity as low as 15/ f . In the pools
the salinity does not often fall below 8%o." Nicol's observations may well be
the actual basis for later undocumented and unqualified statements, such as that

A. marina "can tolerate reduced salinities down to about 8%
"

(Green, 1968)

(e.g., also Krogh, 1939; Wells and Ledingham, 1940). Nicol clearly stated that

these reductions of salinity were brief and temporary, due to rainfall or to sur-

face runoff, and that they did not influence interstitial water salinity to any ex-

tent even when the salinity of the overlying water was considerably reduced.

That burrowing animals may be able to avoid or reduce contact with over-

lying waters of low salinity for short periods of time, while remaining in contact

with interstitial water of much higher salinity, is discussed in some detail by
Oglesby (1969b). Such burrowers will be limited by how long they can tolerate

the absence of new water for burrow ventilation. In the case of lugworms, such

periods may be quite long. May (1972, page 80) observed that Ab. pacifica "ap-
peared healthy after three days in anoxia," and Hecht (1932) maintained A. marina
for 9 days in the absence of oxygen. Thus, lugworms are capable of "riding out"
short periods of lowered environmental salinities in much the same way as can
barnacles (Newman, 1967) and bivalve molluscs (Gilles, 1972), which prevent
contact of the body with external medium by closing their shells. MacGinitie

(1939), for example, reported that a number of soft-bodied burrowing inverte-

brates, including A. brasilicnsis Nonato (as A. cristata), survived a major fresh-

water flood in the normally marine Newport Bay in southern California, while
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epifaunal forms lacking shells were killed. Just how effectively a lugworm can

plug its burrow against temporarily adverse environmental conditions is still a

matter of controversy (Hoffman and Mangum, 1972; Vogel and Bretz, 1972).
Table I shows that with the exception of these questionable records for lug-

worms at 8%oS (23% SW), the lowest limit for worms in the field is considerably

higher, from 41% SW (Reid, 1929) to 60-70% SW (Percival, 1929; Popham,
1966; this report). This high value for long-term survival of low salinities in the

field is consistent with those few studies on long-term survival in the laboratory,
and not inconsistent with observations that lugworms can survive temporary ex-

posure to lower salinities both in the laboratory and in the field.

In the Coos Bay system (Fig. 1), as elsewhere (Hobson, 1967), Ab. pacifica

is not found in such obviously unsuitable substrates as rocks, gravels, and coarse

sand. It is often very abundant in finer sandy-muds with a moderate organic
matter content. This distribution pattern seems typical of lugworms generally

(e.g., Longbottom, 1970), probably due to the similar feeding and burrowing
mechanisms of all members of the family (Hobson, 1967). However, differences

in details of substrate preference have been observed ( Healy, 1963
; Hobson, 1967 )

such that sympatric species are not usually found together. Sediments suitable for

lugworms require calm waters and a depositional environment for development,
and while such situations commonly occur in estuaries, lugworms can also be

found along the open coast in situations in which wave action is much reduced

(Wells, 1963). Thus, Ab. pacifica is present on the purely marine beach at Sun-

set Bay (Fig. 1), where there is almost no wave action and sediments are similar

to those within Coos Bay. Suitable muddy-sand substrates are widespread in the

Coos Bay system, and Ab. pacifica is present, and often abundant, in most such

areas (Fig. 1). However, Ab. pacifica is absent from certain areas in Coos Bay
which seemingly have an appropriate substrate (Fig. 1). There seem to be two

major categories of intertidal areas lacking lugworms in Coos Bay : areas sub-

ject to severe human disturbance in the form of inputs of domestic and industrial

wastes, (e.g., paper pulp mills, log storage areas, commercial shipping docks, fish

canneries, etc.), and areas receiving freshwater inflows, either year-round or

seasonally.

With reference to pollution, of particular interest is the paper mill at mile

marker 4 (Fig. 1), which discharges about 1.5 million gallons of wastes each day
onto a broad intertidal flat (U. S. Department of the Interior, 1971 ). These wastes

are a complex mixture of partially digested wood residues, including high concen-

trations of polysaccharides and lignins, and sulfite waste liquors with a variety of

acidic sulfur compounds at a pH of 2.0-2^.5. Within about 1000 m both upstream
and downstream of the outfall plume there is little or no infaunal life on the mud-
flats. However, Ab. pacifica approaches the outfall plume more closely than any
other macroscopic invertebrate. In the area most seriously affected by sulfite waste

liquor disposal, the only animals present were a few small lugworms. Fecal cast-

ings were sometimes observed immediately adjacent to places where H2 S bubbled

out of the substrate upon agitation and where sulfur-oxidizing bacteria had formed

large mold-like patches of colloidal elemental sulfur on the surface. Several reports
indicate that lugworms are notably tolerant of sulfide (Clay, 1959; Hecht, 1932;

Perkins and Abbott, 1972; Sveshnikov, 1963). Patel and Spencer (1963) found
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that blood from A. marina contained an active catalyst of sulfide oxidation, an oxi-

dation product of haemoglobin they termed the "brown pigment." Patel and

Spencer concluded (page 174) that "The presence of free haemin in the blood,

coupled with its autocatalytic production by sulphide must afford the animal con-

siderable protection against the toxic effects of sulphide." In view of the high
tolerance of Ab. pacifica to sulfide conditions in the outfall plume from this pulp
mill, it seems likely that this protective role of the brown pigment is found in all

lugworms.
The relationship of the distribution of Ab. pacifica to freshwater inflows in

the Coos Bay system is shown most obviously by the fact that lugworms are

generally absent from the mouths of small streams entering the Bay, such as in

South and North Sloughs, Haynes and Kentuck Inlets, and the Sloughs near

Cooston (Fig. 1 ). At their farthest penetration up these streams, lugworms were
found only on muddy-sand banks at the sides of the stream channels, exposed
to air at most low tides (Porch, 1970). Such worms would not be exposed to the

lowest salinities present at such locations over a single tidal cycle (Nicol, 1935;

Oglesby, 1969b). Because of their small watersheds, these small streams would
not increase much in volume during the rainy season, and thus the lugworms on
the side banks would probably not have to contend with much lower salinities

during the winter than were observed in the summer.

At the mouth of the Coos River in the Bay (from mile markers 15-17 north

to Cooston) there are extensive areas of intertidal mudflats which lacked lugworms.
In summer 1970, interstitial salinities here were no lower than 28 r

/ (f (80% SW),
even though lugworms were encountered elsewhere in the Bay in muds with

interstitial salinities as low as 2S f
/ lf (71% SW). The Coos River itself has a

variable flow, seldom exceeding 100 cubic feet per second during the dry season

(May to October), but sometimes discharging as much as 1000 times more water

during the rainy season ( U. S. Department of the Interior, 1971 ). This intertidal

area near the mouth of the river would be particularly subject to low salinities

during periods of high river volume, and such periods may be expected to last

many days to several weeks. At such times, interstitial salinities must surely

drop to levels far lower than the low-salinity tolerance limits of Ab. pacifi^a (about

50% SW). The fact that Nereis Hninicola is abundant in the area also suggests
that these mudflats are exposed to low salinities for prolonged periods. N.

lunnicola is tolerant of low salinities and fresh water, and is usually restricted by
interspecific competition to such habitats (Oglesby, 1965, 1968a ; Smith, 1953).
While settlement of lugworm larvae may possibly occur on these mudflats during
the summer, young worms would be unlikely to survive lengthy low salinity con-

ditions during the winter, and thus permanent populations could not become estab-

lished.

It seems reasonable to conclude that lugworms are important members of the

mudflat infauna only in those estuaries which are sufficiently dominated by the

sea that interstitial salinities do not drop below about 50% S\Y. and where the

salinity of the overlying water does not drop below this critical level for more
than a few days. Tims, Ab. pacificu is one of the most widespread polychaetes
in the Coos Bay system, not because it can osmoregulate or even tolerate salinities
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below about 50% SW, but because most of the Coos Bay system is not exposed
to lower salinities.
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SUMMARY

1. The lugworm Abarenicola pacifica can tolerate salinities as low as 23% SW
in the laboratory, but is unlikely to survive more than brief exposure to salinities

lower than 50% SWin the field.

2. Over this salinity range, Ab. pacifica is an osmotic conformer, but the

coelotnic fluids are slightly hyperosmotic to the medium. The literature suggests
that other members of the family have a similar osmotic behavior.

3. At all salinities, the coelomic fluids of Ab. pacifica are slightly hypo-ionic

to the medium with respect to Cl~ and Na+
. Ion regulation appears to be very

limited in all members of the family.

4. Ab. pacifica has very little ability to control its water content and volume

in different salinities.

5. The relationship of the osmotic physiology of lugworms to their distribution

in estuaries is discussed. While lugworms may be able to avoid contact with

overlying waters of too low salinity for perhaps a few clays, they are unlikely

to form permanent populations in those parts of estuaries where the interstitial

salinities drop below 50% SWduring any part of the year.

LITERATURE CITED

ASHWORTH,J. H., 1904. Arcnicola (The Luc/ Worm}. Liverpool Mar. Biol. Conun. Mem..
11: 1-118.

BELYAEV, G. M., 1957. Physiological characteristics of representatives of the same species in

waters of different degrees of salinity. Trudy Vsesoyuznogo Gidrobiolpgischeskogo
Obshchestva (Akad. Nank SSSR), 8: 321-353. [in Russian]

BIALASZEWICZ, K., 1933. Contribution a 1'etude de la composition minerale des liquides nour-

riciers chez les animaux marins. Arch. Int. Physio!., 36: 41-53.

BURT, W. V., AND W. B. McAusxER, 1959. Recent studies in the hydrography of Oregon
estuaries. Res. Briefs. Fish Comm. Oregon, 7 : 14-27.

BURT, W. V., AND J. QUEEN, 1957. Tidal overmixing in estuaries. Science, 126: 973-974.

CHAPMAN,G., AND G. E. NEWELL, 1947. The role of the body fluid in relation to movement in

soft-bodied invertebrates. I. The burrowing of Arcnicola. Proc. Roy. Soc. London,
134B: 431-455.

CLARK, M. E., 1968a. Free amino-acid levels in the coelomic fluid and body wall of polychaetes.

Biol. Bull. 134: 35-47.

CLARK, M. E., 1968b. A survey of the effect of osmotic dilution on free amino acids of various

polychaetes. Biol. Bull., 134: 252-260.

CLAY, E., 1959. Literature survey of the common fauna of estuaries. 2. Arcnicola marina.

[Unpublished, available from the Imperial Chemical Industries Ltd. Brixham, England,
26 pp].



SALT AND WATERBALANCEIN LUGWORMS 197

DAKIN, W. J., 1908. Variations in the osmotic concentration of the blood and coelomic fluids

of aquatic animals, caused by changes in the external medium. Biochem. J., 3: 473-490.

DARNELL, R. M., 1967. Organic detritus in relation to the estuarine ecosystem. Pages 376-382
in G. H. Lauff, Ed., Estuaries. American Association Advancement Science Publica-

tion 83.

DAY, J. H., 1967. The biology of Knynsa Estuary, South Africa. Pages 397-407 in G. H.

Lauff, Ed., Estuaries. American Association Advancement of Science Publications 83.

DICE, J. F., Jr., 1969. Osmoregulation and salinity tolerance in the polychaete annelid Cirri-

fonnia spirabrancha (Moore, 1904). Comp. Biochem. Physio!.. 28: 1331-1343.

DucHATEAU-BossoN, G., C. jEUNiAi'x AND M. FLORKiN, 1961. Role de la variation de la com-

posante amino-acide intraccllulaire dans 1'euryhalinite d'Arcnicola marina L. Arch.

Int. Physiol. Biochim.. 69 : 30-35.

FLORKIN, M., 1936. Taux ces substances reductrices et fermentescibles dans les liquides orga-

nique de 1'arenicale, du dasybranche et du siponcle. C. R. Soc. Biol. Paris, 123 :

1022-1024.

FLORKIN, M., AND R. HOUET, 1939. Presence d'acide allantoique dans le liquide coelomique
d'annelides et de sipunculiens, et en particulier dans les hematies de ces derniers.

C. R. Soc. Bio!. Paris, 131 : 1276-1277.

GILLES, R., 1972. Osmoregulation in three molluscs: Acanthochitona discrepans (Brown),
Glycymeris glycymcris (L.) and Alytilus cdnlis (L.). Biol. Bull.. 142: 25-35.

GINETZINSKY, A. G., 1959. Two kinds of adaptation of poikilosmotic animals to hypotonic
medium. Proc. Int. Congr. Zoo!.. 15: 958-959.

GREEN, J., 1968. The Biology of Estuarine Animals. Sidgwick & Jackson, London, 401 pp.

GROSS, W. J., 1964. Trends in water and salt regulation among aquatic and amphibious crabs.

Biol. Bull.. 127 : 447-466.

HEALY, E. A., 1963. Mucous secretions of abarenicolid lugworms. Ann. Nnv York Acad. Sci.,

106(2) : 444-450.

HEALY, E. A., AND G. P. WELLS, 1959. Three new lugworms (Arenicolidae, Polychaeta) from
the north Pacific area. Proc. Zoo/. Soc. London, 133: 315-335.

HECHT, F., 1932. Der chemische Einfluss organischer Zersetzungsstoffe auf das Benthos,

dargelegt an Untersuchungen mit marinen Polychaeten, insbesondere Arcnicola marina

L. Senckenbergiana, 14: 199-220.

HoBSOisr, K. D., 1967. The feeding and ecology of two north Pacific Abarcnicola species

(Arenicolidae, Polychaeta). Biol. Bull., 133 : 343-354.

HOFFMAN, R. J., AND C. P. MANGUM,1972. Passive ventilation in benthic annelids? Science,

176: 1356.

HOGUE, E. W., AND L. C. OGLESBY, 1972. Further observations on salt balance in the sipunculid
worm Thciniste dyscritum. Conip. Biochem. Physiol., 42A : 915-926.

KHLEBOVICH, V. V., 1969. Aspects of animal evolution related to critical salinity and internal

state. Marine Biology, 2 : 338-345.

KINNE, O., 1971. Salinity. Animals. Invertebrates. Pages 821-995 in O. Kinne, Ed., Marine

Ecology. Volume I. Environmental Factors. Part 2. Wiley-Interscience, New York.

KLEIN, G. DsV., 1967. Comparison of recent and ancient tidal flat and estuarine sediments.

Pages 207-218 in G. H. Lauff, Ed. Estuaries. American Association Advancement of

Science Publication 83.

KROGH, A., 1939. Osmotic Regulation in Aquatic Animals. Cambridge University Press, Cam-
bridge, 242 pp.

KRUGER, F., 1971. Bau und Leben des Wattwurmes Arcnicola marina. 1 1 clgolandcr ll'iss.

Mccresuntcrs.. 22: 149-200.

LONGBOTTOM,M. R., 1970. The distribution of Arcnicola marina (L.) with particular reference

to the effects of particle size and organic matter of the sediments. /. E.\-p. Mar. Biol

Ecol.,5: 138-157.

MACGINITIE, G. E., 1939. Some effects of fresh water on the fauna of a marine harbor. Amcr.
Midland Natur., 21 : 681-686.

MANGUM,C. P., AND J. M. SHICK, 1972. The pH of body fluids of marine invertebrates.

Comp. Biochem. Physiol., 42 A : 693-697.

MAY, D. R., 1972. The effects of oxygen concentration and anoxia on respiration of Aharenicola

pacifica and Lumbrincris zonata (Polychaeta). Biol. Bull., 142: 71-83



198 LARRY C. OGLESBY

NESTEROV, V. P., AND I. A. SKULSKI, 1965. Comparative investigations of Li, Na, K, Rb, and
Ca distribution in muscle tissue of marine animals. Zh. Ei'ol. Biokhim. Fizol., 1 :

151-157. [in Russian]

NEWMAN,W. A., 1967. On physiology and behavior of estuarine barnacles. Proc. Symp.
Crustacea, Enakulam. India, Part III. 1967: 1038-1066.

NICOL, E. A. T., 1935. The ecology of a salt-marsh. /. Mar. Biol. Ass. U. K., 20: 203-261.

OGLESBY, L. C., 1965. Steady-state parameters of water and chloride regulation in estuarine

nereid polychaetes. Comp. Biochciii. Physiol.. 14: 621-640.

OGLESBY, L. C., 1968a. Responses of an estuarine population of the polychaete Nereis liinincola

to osmotic stress. Biol. Bull.. 134 : 118-138.

OGLESBY, L. C., 1968b. Some osmotic responses of the sipunculid worm Thenristc dvscritum.

Comp. Biochcm. Physiol.. 26: 155-177.

OGLESBY, L. C., 1969a. Inorganic components and metabolism ; ionic and osmotic regulation :

Annelida, Sipuncula, Echiura. Pages 211-310 in M. Florkin and B. T. Scheer, Eds.,

Chemical Zoology, IV. Academic Press, New York.

OGLESBY, L. C., 1969b. Salinity-stress and desiccation in intertidal worms. Amer. Zool., 9:

319-331.

OGLESBY, L. C., 1970. Studies on the salt and water balance of Nereis diversicolor. I. Steady-
state parameters. Comp. Biochcm. Physiol., 36: 449-466.

OGLESBY, L. C., 1973. An analysis of water-content regulation in selected worms. In press in

F. J. Vernberg, Ed., Proceediuys of Symposium on the Physiological Ecology of

Estuarine Oryanisms. University of South Carolina, Columbia, South Carolina.

ORTON, J. H., 1925. Experimental regeneration in the sea of the hind body of Arcnicola marina

L. Ann. Mag. Nat. Hist. 16: 641-643.

PATEL, S., AND C. P. SPENCER, 1963. The oxidation of sulphide by the haem compounds from

the blood of Arcnicola marina. J. Afar. Biol. Ass. U. K.. 43: 167-175.

PEARSE, A. S., 1928. On the ability of certain marine invertebrates to live in diluted sea water.

Biol. Bull.. 54 : 405-409.

PERCIVAL, E., 1929. A report on the fauna of the estuaries of the River Tamar and the River

Lynher. /. Mar. Biol. Ass. U. K., 16: 81-108.

PERKINS, E. J., AND O. J. ABBOTT, 1972. Nutrient enrichment and sand flat fauna. Marine
Pollution Bull. ,3(5) : 70-72.

PIERCE, S. K., JR., 1970. The water balance of Modiolus (Mollusca: Bivalvia: Mytilidae) :

osmotic concentrations in changing salinities. Comp. Biochcm. Physiol., 36: 521-533.

POPHAM, E. J., 1966. The littoral fauna of the Ribble estuary, Lancashire, England. Oikos.

17: 19-32.

PORCH, L. L., 1970. Polychaetes of Coos Bay. Unpublished student report, 21 pp. [Available
from the Institute of Marine Biology, University of Oregon, Charleston, Oregon,

97420.]

POTTS, W. T. W., AND G. PARRY, 1964. Osmotic and Ionic Rci/ulatioti in Animals. Pergamon
Press, London, 423 pp.

QUINTON, R., 1900. Communication osmotique, chez 1'invertebre marin normal, entre le milieu

interieur de 1'animal et le milieu exterieur. C. R. Acad. Sci. Paris, 131 : 905-908.

REID, D. M., 1929. On some factors limiting the habitat of Arcnicola marina. J. Mar. Biol.

Ass. U.K., 16: 109-116.

REMMERT,H., 1969. Uber Poikilosmotie und Isoosmotie. Z. I'ergl. Physiol.. 65: 421-427.

RHOADS, D. C., 1967. Biogenic reworking of 'intertidal and subtidal sediments in Barnstable

Harbor and Buzzards Bay, Massachusetts. /. Gcol., 75 : 461-476.

ROBERTSON,J. D., 1949. Ionic regulation in some marine invertebrates. /. E.rp. Biol.. 26: 182-

200.

SCHLIEPER, C., 1929. Uber die Eimvirkung niederer Salzkonzentrationen auf marine Organis-
men. Z. Vcrgl. Physiol., 9: 478-514.

SMITH, R. L, 1953. The distribution of the polychaete Ncanthes liyhti in the Salinas River

estuary, California, in relation to salinity, 1948-1952. Biol. Bull.. 105 : 335-347.

SMITH, R. L, 1970. Hypo-osmotic urine in Nereis dire r sic ol or. J. E.vp. Biol., 53: 101-108.

STRUNK, C., 1930a. Beitrage zur Excretions-Physiologic der Polychaten Arcnicola marina und

Stylarioides plumosus. Zool. Jahrb. Ally. Zool. Physiol. Tierc, 47: 259-290.



SALT AND WATERHALANCEIN LUGWORMS 199

STRUNK, C., 1930h. Excretionsphysiologische Stuclien an den Polychaten Polynniia nehulosa

und Lanicc concliilct/a. Ein \\citerer Beitrag zur Excretionsphysiologie der Polychaten.
Zool. Jahrb. All,,. Zool. I'hysiol. Ticrc. 48: 385-398.

STRUNK, C., 1932. Uber das Vorhandensein und die Aufgahen des Harnstoffs in der Leibeshoh-

lenfliissigkeit des Polychaten Arcnicola marina. Zool. Jalirh. All;/. Zool. Phvsiol.

Ticrc. 52: 216-222.

SUTCLIFFE, D. W., 1967. Sodium regulation in the amphipod Giiiniininis ducbcni from brackish-

water and fresh-water localities in Britain. /. E.rp. Biol., 46: 529-550.

SVESHNIKOV, V. A., 1963. The biocoenotic associations and living conditions of some food

invertebrates of the littoral of the Gulf of Kandalaksha in the White Sea. Trudy
Kandalakshsk. Cos. Zapovednika, 4 : 114-134. [in Russian]

UXITED STATES DEPARTMENTOF THE INTERIOR, 1971. Natural Resources, Ecological Aspects,

Uses, and Guidelines for the Management of Coos Bay, Oregon. A Special Report,
128 pp. [Available from the Secretary, Pacific Northwest Region, U. S. Department of

the Interior, P. O. Box 3621, Portland, Oregon 97208].

VOGEL, S., AND W. L. BRETZ, 1972. Passive ventilation in benthic annelids? Science. 176:

1356-1357.

WELLS, G. P., 1945. The mode of life of Arcnicola marina L. J. Mar. Biol. Ass. U.K., 26:

170-207.

WELLS, G. P., 1959. The genera of Arencolidae (Polychaeta). Proc. Zool. Soc. London, 133:

301-314.

WELLS, G. P., 1963. Barriers and speciation in lugworms ( Arenicolidae, Polychaeta). Pages
79-98 in J. P. Harding and N. Tebble, Eds., Speciation in the Sea. Systematics Asso-

ciation Publication 5, London.

WELLS, G. P., AND I. C. LEDINGHAM, 1940. Physiological effects of a hypotonic environment.

I. The action of hypotonic salines on isolated rhythmic preparations from polychaete
worms (Arcnicola marina, Nereis dii'crsicolor, Pcrincreis cultrifera). J. E.vp. Biol.,

17: 337-352.

ZENKEVICH, L. A., 1938a. The influence of Caspian and Black Sea waters of different concen-

trations upon some common Black Sea invertebrates (to the question of the acclimatiza-

tion of Black Sea invertebrates in the Caspian Sea). Part I. Survivorship and body

weight changes. Zool. Zh.. 17 : 845-876. [in Russian]

ZENKEVICH, L. A., 1938b. The influence of Caspian and Black Sea waters of different concen-

trations upon some common Black Sea invertebrates (to the question of the acclima-

tization of Black Sea invertebrates in the Caspian Sea). Part II. (The change of

internal salinity). Zool. Zh., 17 : 976-1002. [in Russian]


